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Abstract 
Mesozooplankton production was estimated by using a new sampling technique and two alternative 
calculation methods. In essence, production estimates are based on significantly higher abundances. The 
contribution of juvenile stages to copepod and fish dynamics was generally low, so that the Omission 
of juvenile stages in budgets will result in a small error. The situations reported in this study present a 
unique food web Szenario, which in detail, however, was strongly dependent on methodology. Further-
more. relations between trophic levels were considered with respect to vertical distribution. 
1. Introduction 
This article presents an estimate of the seasonal Status of mesozooplankton production in 
an area of the Baltic Proper. In contrast to LINDAHL (1977) spatial (i.e. vertical) variability 
of the mesozooplankton biomass is considered. The production estimates presented are based 
on studies of vertical distribution by DAHMEN (1995). 
The chosen site is of particular significance for Baltic cod (Gadus morhua callarias) espe-
cially in recent years. Because of the bad oxygen conditions in the Gdansk deep, the Slupsk 
furrow and the Gotland Basin, the Bornholm deep became the only spawning ground for the 
eastern Baltic cod (PLIKSHS et al., 1993). A strong decrease in the reproductive success of 
cod since 1980 led to a stock decline to 10% of the original size, accompanied by a corre-
sponding decrease of catches since 1983 (HELCOM, 1996; KöSTER, 1994). This led to a case 
study on the recruitment of cod in the central Baltic since 1987. A number of fishery stu-
dies already exist concerning the distribution of cod eggs and larvae and the egg mortality 
(for example GRöNKJ/ER and WIELAND, 1997; LENZ et al., 1995; WIELAND, 1995). Further-
more the predation on juvenile stages by potential spawn predators (KöSTER, 1994; KöSTER 
and SCHNACK, 1994) has been investigated. 
Consideration of the vertical distribution and feeding ecology of cod larvae raises the que-
stion, whether there is enough food for them. The presented investigation was intended to 
complement the fishery study in this respect. On the other hand estimates from fixed sam-
ples from the fishery cruises and from further data sources are used to create a szenario as 
complete as possible with regard to the Zooplankton. From the point of view of zooplank-
tologists the question is, whether the mesozooplankton dynamics is determined by predators 
or by primary production in the situations studied and whether the answer is strongly depen-
dent on methodological Variation. 
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2. Methods 
2.1. Sampling Tests 
The net introduced for this study had never been used before and needed to be tested. It was a small 
47 tim auxiliary net with an opening diameter of 4 cm. which was hanging in the center of the opening 
of a 335 tim net with an opening diameter of 1 nr. This kind of net construction is especially exposed 
to the danger of net avoidance because the great pressure wave caused by the great net is also precee-
ding the opening of the small net. Additionally, the towing speed was 3 kn. The abundances of both 
nets were counted. 
A further comparison was carried out with 30-1 Niskin samplers. Five sampling stations were distri-
buted equally over the towing distance of about 280 m of the horizontal net to obtain the overlapping 
of the water volumes sampled by the two techniques. The individual numbers of the sampling stations 
were averaged. Copepods of different size classes were counted. 
2.2. Zooplankton 
The sampling stations (21 and D) in the Bornholm Basin (1CES subdivision 25) lie just north of the 
Polish fishery zone (Fig. 1) at a water depth of nearly 90 m. The mesozooplankton sampling was car-
ried out using 47 Lim horizontal nets and was carried out on fishery surveys, so that only three sampling 
dates, each in a different year and season, could be analyzed. These observations may be seen as snap-
shots and not necessarily as representative for a season. Therefore they will not be extrapolated to con-
struct an annual cycle. For more details see DAHMEN (1995). 
The potential copepod production was calculated using a holistic approach (HUNTLEY and LOPEZ, 
1992; HUNTLEY, 1996) and additionally by summarizing the production values of Single species and 
their developmental stages (EDMONDSON and WINBERG, 1971). 
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Figure l. Investigation area - Bornholm Basin in the southern Baltic Proper. 
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Table 1. C/Chl a values determined from BMP data. 
month C/Chl a 
26th July 1991 94.8 
12th Aug. 1992 46.8 
[3Ist Oct. 1988 6.3] 
4th Nov. 1992 29.9 
P = B • g, where g = 0.0445 • e ( u ' I T (HUNTLEY and LOPEZ, 1992) 
P = daily potential copepod production, B = biomass per area, g = weight specific growth rate per day, 
T = temperature in the respective depth. 
P = Ni • Aw/D, (EDMONDSON and WINBERG, 1971) 
N| = individual number of stage i, Aw; = weight increase of stage i, D{ = development time of stage i in 
days, i = {NI-VI, CI-V, females). 
The production of cladocerans was calculated with an equation derived for Bosmina coregoni (KAN-
KAALA et al, 1984). For appendicularians a P/B value of 0.27 d_l (rounded) for Fritillaria pellucida at 
13.5°C (FENAUX, 1976) was adapted to other temperatures with a Q,0 value of 2 (IKEDA, 1985). The 
production was calculated for each depth seperately according to the Variation of T, D; or P/B respec-
tively with depth and integrated over the water column. 
The consumption of copepods was determined by gross growth efficiency K, = 0.245, an average of 
a number of literature values with a Standard deviation = 0.071. A value for Fritillaria has not been 
given so far, but according to BRAFIELD and LLEWELLYN (1982) a higher value than 0.3 is not a reali-
stic assumption. The consumption of cladocerans was negligible because of their low abundances at the 
sampling dates. 
The food demand for basic metabolism is given by respiration. The amount of excretion is not marked 
compared with respiration (OMORI and IKEDA, 1984). The respiration was calculated according to IKEDA 
(1985) with a respiratory quotient of 0.85. 
In R = a„ + a, • In X, + a2 • X2, where R in [d 0 2 Ind."1 h"1 (IKEDA, 1985) 
a, = regression coefficients (a„ = 0.5254, a, = 0.8354, a2 = 0.0601), X, = individual weight in mg C, 
X2 = temperature in °C. 
2.3. Phytoplankton 
The phytoplankton biomass in April 1992 was determined in the Baltic Monitoring Programme 
(BMP) using the Utermöhl technique. For July 1991 and October 1988 Chlorophyll a concentrations 
(DAHMEN, 1997 a) were converted to biomasses. The C/Chl a ratios of various years calculated from 
corresponding BMP data (Table 1) proved to be very different both in summer and in autumn, so that 
for each season two C/Chl a ratios were used resulting in two alternative phytoplankton biomasses 
(Table 6). The C/Chl a value calculated for October 1988 was considered unrealistic according to 
MEYERHöFER (1994). 
2.4. Evaluation of Fishery Data 
Biomass and production of herring and sprat older than 12 months were calculated from numbers 
and individual weights (KöSTER, unpubl., taken from DAHMEN, 1995). The production was calculated 
by the increment summation method, such as applied by THUROW (1984). Biomass and production of 
the larvae of cod and sprat resulted from individual numbers from ZUZARTE (unpubl.) and GRONKJ/ER 
(unpubl.). which refer to the same nets, in which the 47 u,m inserts for this study were hung. The daily 
potential production was obtained by the specific growth rate (SGR) given by MUNK (1993) for sprat 
and by FOLKVORD et al. (1994) and GAMBLE and HOUDE (1984) for cod. 
274 K. DAHMEN 
The daily consumption of herring and sprat on Single Zooplankton groups was given by KöSTER 
(unpubl., taken from DAHMEN, 1995) for April and July. The consumption for April refers to 1991, but 
was taken also for 1992 because of similar fish Stocks. For the larvae of sprat and cod the consumption 
was calculated by a K, value of 0.3 (HOUDE, 1989; ARRHENIUS and HANSSON 1993) and for fish in Octo-
ber 1988 by a K, value of 0.25 (ELMGREN, 1984). 
3. Results 
3.1. Results of Method Control 
The 335 [.im net proved not to be suitable for testing, because the catch efficiency of this 
net even for the adult copepods was extremely lower than that of the 47 [im insert (Table 2). 
The results of the comparison between 47 um insert and Niskin sampler are given in table 3. 
The relation between body size and catch efficiency was not clear, because trends were 
opposite in the two sampled depths. The great difference of the abundance quotients for nau-
plii between both depths was probably due to a small counting volume (nauplii: 0.47-2.88 1, 
copepodites: 3.75-7.5 1) and not only to the variability in situ. The average relation shows 
that the suspicion, that big copepods avoided the insert opening with its diameter of only 
4 cm, cannot be confirmed by comparison with the Niskin sampler. However big copepods 
avoid this sampler, too (pers. comm.). 
Table 2. Quotient of abundances obtained from the 47 (im and 335 um nets. C = copepodi-
te stage. </> means, that less than 20 individuals were counted for one net, so that a preci-
se factor would not be realistic. For each copepodite stage two catches were counted. If one 
of the two resulting factors was unnecessary because of the </> information of one factor, 
only the other factor was given. 
A^'A«« 
Pseudocalanus minutus CIV 
Acartia longiremis CVI (Ist sample) 
Acartia longiremis CVI (2nd sample) 
Acartia bifilosa CVI 
Temora longicornis CV 
Temora longicornis CVI (Ist sample) 
Temora longicornis CVI (2nd sample) 
Centropages hamatus CVI (Ist sample) 
Centropages hamatus CVI (2nd sample) 
Evadne nordmanni 
Fritillaria borealis 
Table 3. Quotient of abundances obtained from the NISKIN sampler (As) and the 47 |im 
insert (A47). CL = cephalothorax length. 
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3.2. Results of Calculations 
3.2.1. Zooplankton Production 
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Zooplankton production was calculated from depth-dependent seasonal abundances and 
temperature profiles presented in füll by DAHMEN (1995). In April 1992 the minimum tem-
perature of 3.7 °C was above the halocline and below it ranged from 5.8-6.9 °C. In July the 
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Figure 2. Production of the nauplii and Cl-VI stages of copepod species. 
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prod. [mgC/(m2*d)] 
600 
April 92 July 91 Oct. 88 
Figure 3. Contributions of the most important species of the mesozooplankton to production. P = Pseu-
docalanus minutus, A = Acartia sp., T = Temora longicornis, C = Centropages hamatus, F = Fritülaria 
borealis. 
the temperature at the surface was 11.4 °C, the minimum of 4.3 °C was in the intermediate 
layer and below the temperature ranges from 7.0-8.8 °C. 
The contribution of nauplii to total copepod production was negligible except for April 
1992 (Fig. 2). Relative significances of the taxa regarding production are given in Figure 3. 
Non-copepod taxa of the mesozooplankton were important only in April 1992. The contri-
bution of Fritülaria to total mesozooplankton production with the copepod production cal-
culated according to HUNTLEY and LOPEZ (1992) was 62% in April and still 4.6% in July. 
That of cladocerans was highest in October in this study with only 1.2%. 
The holistic determination of copepod production according to HUNTLEY and LOPEZ 
(1992) resulted in similar values for April and July and in a higher one for October compa-
red to determination according to EDMONDSON and WINBERG (1971) (Table 4). 
3.2.2. Trophic Relationships 
In April 1992 dinoflagellates dominated the phytoplankton carbon and diatoms the cell 
number, according to BMP data and to DAHMEN (1995). Following BMP data, in July 
1991 [x-flagellates and cyanobacteria contributed most to phytoplankton carbon and in Octo-
Table 4. Copepod production calculated by the two models [mg C m 2 d '] . HUNTLEY and 
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Table 5. Total consumption by mesozooplankton groups. 
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taxon month consumption 
[mg C nr2 d"1] 
remarks 














LIGNELL et al. (1993), refers to the time of spring bloom. 
1
 TISELIUS (1989), refers to August. 
ber 1988 flagellates dominated, too. It is presumed, that at the sampling dates the contribu-
tion of phytoplankton to the consumption of copepods was at least in the same order of 
magnitude as given in the literature cited for the Baltic (Table 5). 
If the Situation given in Table 6 persisted and the phytoplankton biomass of October 1988 
referred to the whole water column, the total phytoplankton would have been consumed only 
by copepods and Fritillaria in 31 days in April 1992 and in 21 days in October 1988. In 
July 1991 that would have taken 8 days at a maximum. The respiration, i.e. the consump-
tion sufficient for basic metabolism, proved to be much lower than the phytoplankton sup-
ply at all sampling dates regarding biomass as well as primary production. 
The potential daily mesozooplankton production with the copepod production calculated 
according to HUNTLEY and LOPEZ (1992) amounted to 38% of the primary production in 
April, to 56% in July and to 34% in October. 
Biomass and real or potential production respectively of fish and fish larvae are given in 
Tables 7 and 8. A production of <0 mg C m2 d_l for herring in April 1992 is possible becau-
se of individual weights decreasing from one quarter of the year to the next (KöSTER unpu-
bl., taken from DAHMEN, 1995). For April the contribution of flounder larvae to the total of 
fish larvae varied in previous years, but was not negligible (KöSTER, 1994). In July 1991 
and October 1988 the contribution of fish larvae to biomass and production of total fish was 
low. 
The fish consumption was specified only with regard to the mesozooplankton. The con-
tribution of the consumption by fish larvae (Table 9) to that by total fish was 0.71 % in July 
Table 6. Respiration and consumption on phytoplankton by copepods and Fritillaria and 
phytoplankton biomass and daily production. 
respiration 
[mg C m 2 d" 
consumption 
[mg C m~2 d"1] 
phytoplankton 
biomass [mg C m"2] 
primary production 
















The phytoplankton values refer to 5th April 1992, 13th July 1991 and 3Ist Oct. 1988, the consump-
tion to the Zooplankton sampling dates (9th April 1992, 13th July 1991 and 13th Oct. 1988). 
These values refer only to the upper 30 m, but the primary production of the whole water column may 
be well approximated by them, because even at the date of lowest phytoplankton biomass, in April 
1992, a depth of the euphotic layer of only 25 m was determined by Secchi disc. 
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Table 7. Biomass and production of herring and sprat. Sum from age class 1 up. 
species month biomass 
[mg C nr2] 
contribution 
to herring + 
sprat [%] 
production 
[mg C nr2 d"1] 
contribution 












































Table 8. Biomass and potential production of larvae of sprat and cod. 
species month biomass 
[mg C nr2] 
contribution 
to all fish 
larvae [%] 
production 
[mg C m 2 d"1] 
contribution 





































Table 9. Consumption by fish larvae. 
species month consumption 
[mg C nr2 d"1] 
cod 
sprat 



















1991 disregarding the unknown consumption of age class 0. For the other two months a per-
centage cannot be given. 
The biomass and production of medusae is given for the time of mass occurrence, i.e. for 
October, as mean value of the years 1983-1991 following JANAS and WITEK (1993). They 
amounted to 71.1 mg C nr 2 and 0.765 mg C irr2 d"' respectively. The potential production 
of medusae was in the same order of magnitude as the real production of herring and sprat 
Mesozooplankton Production in the Baltic Sea 279 



















The consumption of all fish in that month refers to other years, for fish from age class 1 onwards 
(herring and sprat) generally to 1991, for fish larvae (sprat and cod) of 1988/ 1989. 
The values in brackets refer to the part of the water column from 50 m downwards. Concerning pro-
duction that of copepods was determined according to EDMONDSON and WINBERG (1971). 
Consumption only of medusae; total consumption in brackets. The fish consumption was estimated 
by a K, = 25% (ELMGREN, 1984), given a mesozooplankton share in food of 80% for herring and of 
100% for sprat following consumption values of August 1988 (KöSTER unpubl.. taken from DAHMEN, 
1995). 
in that month. The mean consumption of medusae of 3.83 mg C rrr2 d_l was calculated from 
respiration according to JANAS and WITEK (1993). The contribution of further predators to 
total consumption on mesozooplankton was negligible. 
Referring to the whole water column, Zooplankton biomass as food was 200 times as high 
as predation in April and July and production 20 times as high (Table 10). In October the 
corresponding factors with values of about 500 and 70 respectively were even higher. Con-
sidering the vertical distributions, the consumption-prey relations changed, because feeding 
by fish of the age class equal or greater than one took place primarily below the halocline. 
Then biomass of the mesozooplankton available for fish was about 30 times and mesozoo-
plankton production 3 times as high as predation in April and July. bearing in mind that the 
interpolated depth intervals were greater below than above the halocline in these months. In 
October the greatest consumption was caused by medusae, which occurred predominantly 
above the halocline. That means that factors without and with considering the rough verti-
cal distribution remain nearly the same, because the maxima of medusae and mesozoo-
plankton were located in the same depth ränge. Summarizing, a food limitation didn't exist 
for mesozooplankton predators, even if the rough vertical distributions of predator and prey 
were considered. 
The daily production of mesozooplankton predators without 0-group fish amounted to a 
minimum value of 0.05 % of the mesozooplankton production in April with the copepod 
production calculated according to HUNTLEY and LOPEZ (1992). The corresponding values 
for July and October were 0.42% and 0.09% respectively. The efficiencies are therefore 
much lower than those of the next lower trophic level. 
4. Discussion 
The method control can be supported by a theoretical approach. The filtration efficiency 
of the 47 [im insert was calculated to amount to 91.6% (TRANTER, 1967; WIEGHARDT, 1953). 
The percentage will not have decreased during the towing distance because of clogging. The 
"open area" ratio was 31.8, while TRANTER and SMITH (1968) recommended values of >9 
for smaller mesh sizes. A net comparable with the 47 fxm insert was tested by NICHOLS and 
THOMPSON (1991). It had a mesh size of 61 [im, an opening diameter of 5 or 6.4 cm res-
pectively and was towed at 4.5-5 kn. The "open area" ratio was 37 or 23 respectively and 
the filtration efficiency determined by a flowmeter was 87%. 
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Table 11. Daily mesozooplankton production [mg C m 2 d '] for the months investigated 
in this study. 
Month this study a 
Bornholm Sea 
LlNDAHL(1977) 
Eastern Gotland Sea Aland Sea 












" The part of the mesozooplankton production caused by copepods was calculated according to 
EDMONDSON and WINBERG, in brackets according to HUNTLEY and LOPEZ. 
A further comparison of abundances was possible with values from the BMP obtained by 
W P - 2 net catches (100 [im; DAHMEN, 1997b). The abundances compared refer to the whole 
water column. The W P - 2 net samples were taken at nearly the same position in the Born-
holm Basin with a time difference of two weeks in maximum relative to the 47 (im net 
catches. The abundances obtained by the 47 lim net were considerably higher both for 
nauplii and for copepodites at all sampling dates. The large differences between abundances 
obtained by the W P - 2 net used in the BMP and the 47 [im inserts are assumed to be a result 
of the bad catching properties of the W P - 2 net as established by POSTEL et al. (1991), KAN-
KAALA (1984) and M0HLENBERG (1987). 
With regard to the high abundances obtained a suction effect by the conus of the 47 (im 
net resulting in catch efficiencies greater than 100% may exist. Such an effect was obser-
ved for the "Nackthai" by SCHNACK (1992). It can be verified by comparison with the Nis-
kin sampler only, if the catch efficiency of the sampler was 100%. According to SCHNACK 
(1992), however, the suction effect was 13% and therefore not very strong. 
The growth model of HUNTLEY and LOPEZ (1992) for calculating the potential production 
with the constants used in this model is only suitable for copepod communities and not for 
Single copepod species or other Zooplankton groups. The growth rate of a Community is said 
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Figure 4. Annual course in mesozooplankton production from this study (crosses) and averaged over 
the years 1988-1992 (line, DAHMEN, 1997b) with bars indicating the Standard deviation. The copepod 
production is calculated in both cases according to HUNTLEY and LOPEZ (1992). 
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Table 12. Production of Pseudocalanus acuspes and P. acutus. 
month P. acuspes P. minutus 
[mg C m~2 d"1] 
April 1992 28.5 23.2 
July 1991 110.4 82.6 
October 1988 47.8 34.9 
not to be dependent on the species composition and the body size of copepods. Additional-
ly the influence of temperature on growth rates of populations is assumed by HUNTLEY and 
LOPEZ (1992) to override that of food availability in nature. The objections by HAY (1995) 
and KLEPPEL et al., (1996), that not only temperature controls growth rate, were faced by 
HUNTLEY (1996). 
The potential production according to EDMONDSON and WINBERG (1971) may refer to 
Single species and even distinguish between nauplii and copepodites. This method was used 
also by KANKAALA (1987) and LEPPäNEN and BRUUN (1988) for Baltic copepods. Two 
assumptions were made for obtaining the presented results. The first was isochronality for 
Acartia, Oithona and Centropages. The "isochronal rule" was introduced by MILLER et al. 
(1977) and discussed for example by KLEIN-BRETELER et al. (1994) and VAN DEN BOSCH 
and GABRIEL (1994). The second assumption was that of an unlimited food supply, which 
was apparently less the case at least for July 1991. Furthermore potential production exclu-
des mortality. That mortality usually causes a significant difference between actual and 
potential production, was stressed for example by OHMAN and WOOD (1995). 
Values of daily production in open areas of the Baltic Sea are given also by LINDAHL 
(1977) for the Aland Sea and the Eastern Gotland Sea (Table 11). The great difference be-
tween the own results and those of LINDAHL (1977) can sufficiently be explained by the fol-
lowing two reasons: 1) The production calculation was based on biomasses differing alrea-
dy by factors of 2.8 in October and 4.4 in April, because LINDAHL (1977) used the WP-2 
net (100 u,m). The difference in production values (Fig. 4) from this study and from BMP 
recordings (DAHMEN, 1997b) refers to the same fact (see also above, methodological dis-
cussion). 2) HERNROTH and ACKEFORS (1979) noticed that the southern and the northern 
Baltic Sea differ in annual production by the factor of two. 
The copepod species, which is called Pseudocalanus minutus in the BMP and also in this 
article, is thought to be actually P. acuspes according to FROST (1989) and KOSZTEYN (pers. 
comm.). According to MCLAREN et al. (1989) the productivity of P. acuspes is 27-37% 
higher than that of P. minutus under the seasonal conditions in the Bornholm Basin (Table 12). 
The potential mesozooplankton production in July 1991 of 523 (606) mg C m"2 d"1 (Table 
11) can be contrasted with a potential production of ciliates in the Bornholm Sea in July 
1990 of 122 mg C nr2 d"1 in the upper 35 m (AUF DEM VENNE, 1994). 
The evaluation of the mesozooplankton production estimates and of the methods employed 
in this study will ultimately turn out badly with regard to the very high transfer efficiencies 
between phytoplankton and Zooplankton in this study of nearly 40%. The maximum litera-
ture value was 21.4% for Kiel Bight, referring however to a whole year (MARTENS, 1976). 
HEERKLOSS et al. (1990) give values for Single days, reaching from 2.5 to 16.4%. Two 
explanations can be offered: 1) The Zooplankton abundances are too high. It is already 
shown that they are higher than results with the often used WP-2 net and it is also shown 
that just this net is likely to be deficient. 2) The phytoplankton production values are too 
low. Primary production was estimated by in-situ measurements, but with some days differ-
ence to mesozooplankton measurements. Realistic transfer efficiencies of 30% in maximum 
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would require primary production values nearly one and a half times as high as estimated. 
Furthermore protozoa, rotifers and microbes as additional consumers and Sedimentation 
especially of greater algae have to be considered (LIGNELL et al, 1993; SMETACEK et al, 
1984). Especially in summer the contribution of autotrophic picoplankton, which is inac-
cessible for copepods, to primary production amounted to 18% in the inner Kiel fjord and 
at Boknis Eck to 60% (JOCHEM, 1990). On the other hand ciliates may play a significant role 
as food (POULET, 1983). The actual utilization of detritus including bacteria settling on it is 
not yet clarified (PAFFENHöFER and VAN SANT, 1985). Summarizing, the primary production 
has to be at least two times as high to result in realistic transfer efficiencies. The Solution 
of this problem is perhaps presented by PLATT et al. (1989), who showed the very high varia-
bility in the results of single primary production measurements. That means that the trans-
fer efficiencies presented in this article are not realistic, because they refer only to such 
single highly variable values of primary production. 
Regarding trophic relationships considerations about food availability may give an 
impression on the smaller scales of time and space. The question is whether phytoplankton 
concentrations in the water column were high enough to ensure individual survival in this 
depth and only at this moment and without regarding competition. According to HARRIS and 
PAFFENHöFER (1976) copepod requirements usually amount to more than 200 mg C irf\ and 
the lowest records found were 50 mg C m~3 Own maximum Chlorophyll concentrations at 
the sampling dates (DAHMEN, 1997a) had to be converted to carbon values. In April 1992 a 
maximum carbon concentration of 297 mg C m~3 with a minimum C/Chl a ratio of 45 for 
dinoflagellates (MEYERHöFER, 1994) could be found. For July 1991 and October 1988 C/Chl 
a ratios of 46.8 and 29.9 were used (Table I) resulting in carbon concentrations of 114 and 
132 mg C m-3. Looking at the given concentrations, not only in July 1991, but also in Octo-
ber 1988 a moderate food availability even in the maximum layer may have made it diffi-
cult for individuals to meet patches with sufficiently high phytoplankton concentrations. 
However, this sight provides no conclusions on the survival chance of the population in 
future, as possible by consideration of phytoplankton and Zooplankton production. 
It doesn't look, as if the decrease in Zooplankton abundance in July 1991 as shown by the 
BMP data was induced by predators (Table 10). That means on the other hand that the pre-
dators seemed not to be limited by food. In the North Sea in summer MUNK and NIELSEN 
(1994) found a consumption by fish larvae, especially by sprat larvae, of less than 1 % per 
day and a predation by scyphomedusae of 1.3% of the copepod biomass. The copepod pro-
duction, however, was as great as consumption on copepods. MUNK and NIELSEN (1994) 
added, that only a certain part of the size spectrum of copepods is useful for fish larvae. 
Confining to this part in form of nauplii, the consumption by fish larvae (Table 9) relative 
to the biomass of nauplii (April - 467, July - 259, October - 267 mg C m"2) was still very 
low in this study and didn't come near the production of nauplii either (April - 16, July -
21, October - 14 mg C m"2 d ' ) . Other results show a comparison between annual values of 
Zooplankton production and consumption by fish, according to which consumption amounts 
to 30% (MöLLMANN and KöSTER, 1996, only Gotland Sea), 50% (RUDSTAM et al, 1994) or 
93% (ARRHENIUS and HANSSON, 1993) of production. Even if annual results are more appro-
priate for generalizations, seasonal considerations can better be compared with own conclu-
sions. MöLLMANN and KöSTER (1996) showed a significant predation pressure on Zooplank-
ton in the first quarter of the year and a decreasing predation impact in the further progress 
of the year. The decreasing trend was found in this investigation, too. MöLLMANN and 
KöSTER (1996), however, demonstrated a higher predation pressure during all seasons, main-
ly because they used the essentially lower seasonal Zooplankton production values according 
to LINDAHL (1977). Further reasons for the difference in the magnitude of the predation 
impact may be the variability in the estimates of fish consumption and presumably less sea 
area-speeifie details. 
Mesozooplankton Production in the Baltic Sea 
According to ARRHENIUS and HANSSON (1993), the zooplanktivory peaked in late summer 
and autumn because of age-0 clupeids. Regarding age class 0, quantitative values couldn't 
be given in this study. KöSTER (1994) observed from catches in the Bornholm Basin, that 0-
group sprat appeared in August and 0-group cod in September for the first time. ARRHENI-
US and HANSSON (1993) obtained 0-group predation values for July and October for herring 
of <10 and 50% of the predation of all age classes (for all prey types) and for sprat of 0 
and 65% respectively. In April the age class 0 was not involved in consumption at all. In 
the presented investigation in October 1988 the greatest consumption was caused by medu-
sae. The low fish consumption at that time will not result in significant changes of the pre-
dator-prey ratio found, even if the age class 0 is included by doubling consumption. The 
method of estimating fish consumption for October 1988 by a K, value may not be appro-
priate, as tested by a comparison of methods for the two other sampling dates, but that would 
not be significant anyway in this context. 
The contribution of fish larvae to total fish consumption of 0.71 % for July 1991 given in 
this study is not representative. According to ARRHENIUS and HANSSON (1993) in April and 
October the sprat larvae didn't participate in consumption at all, while in July their contri-
bution to consumption was 50%. The critical point is either the difference in the abundance 
ratios of fish larvae to fish in both investigations at that time or the difference in the methods 
used by KöSTER (1994) and ARRHENIUS and HANSSON (1993) to determine fish consumption. 
Concerning the abundance ratios of fish larvae to fish, the abundances used by ARRHENIUS 
and HANSSON (1993) are more representative, because they are averages of several years. 
As done for the phytoplankton-zooplankton relationship, a look at small-scale conditions, 
i.e. the food availability in certain depths, completes the picture of the food web Situation 
on this trophic level and the evaluation of Zooplankton net data. The net construction used 
in this study was especially suitable for investigating this aspect, because it allowed the 
quantitative sampling of fish larvae and nauplii during the same haul (DAHMEN, 1997a). The 
food concentration required for first-feeding cod larvae at a given swimming speed, feeding 
success and catabolic energy demand is 40-90 nauplii per litre corresponding to the age of 
larvae (SOLBERG and TILSETH, 1984). During the day such conditions were not observed at 
any depth with greater abundance of cod larvae, but July 1991 was the only sampling date. 
for which data on the vertical distribution of cod larvae exist (GRONKJ/ER unpubl.). For exam-
ple in 35 m the concentration of nauplii was 12 individuals per litre (DAHMEN, 1995). Only 
the maximum concentrations of nauplii in April 1992 and July 1991 in 10-30 m and 5-15 
m respectively were in the ränge demanded by SOLBERG and TILSETH (1984). If according 
to ELLERTSEN et al. (1989) a minimum concentration of 5-10 nauplii per litre was relevant, 
the density of nauplii in the Bornholm Basin was sufficient for the first-feeding cod larvae 
at all sampling dates at least in the upper 40 m. KRAJEWSKA-SOLTYS and LINKOWSKI (1994) 
came to the same conclusion, except for March and April. Regarding food concentration, 
they combine nauplii and younger copepodites. 
Ultimately, results about the zooplankton-fish relationship like those about the feeding 
Situation for Zooplankton need more complete data and methodological clearness to allow a 
better assessment of trophic situations. 
5. Acknowledgements 
I am indebted to Prof. Dr. J. LENZ and B. S. VIRDI for reading the manuscript, to Dr. F. 
KöSTER for reading the manuscript and for delivering fishery data, to P. GRöNKJ^ER for 
delivering ichthyoplankton data, to Dr. K. WIELAND and Dr. G. SCHNEIDER for discussions, to 
Dr. W. KAISER and Dr. N. WASMUND from the Institut für Ostseeforschung Warnemünde 
for delivering phytoplankton data, and to the captain and crew of R/V "Alkor" for help with 
sampling. 
284 K. DAHMEN 
6. References 
ARRHENIUS, F. and S. HANSSON, 1993: Food consumption of larval, young and adult herring and sprat 
in the Baltic Sea. - Mar. Ecol. Prog. Ser. 96: 125-137. 
AUF DEM VENNE, H., 1994: Zur Verbreitung und ökologischen Bedeutung planktischer Ciliaten in zwei 
verschiedenen Meeresgebieten: Grönlandsee und Ostsee. - Ber. Inst. Meereskunde Kiel 262, 160 pp. 
BRAFIELD, A. E. and M. J. LLEWELLYN, 1982: Animal energetics. - Blackie, London. 
DAHMEN, K., 1995: Vertikalverteilung und produktionsbiologische Bedeutung des Mesozooplanktons im 
Bornholm - Becken (Südliche Ostsee). - Ber. Inst. Meereskunde Kiel 273, 175 pp. 
DAHMEN, K., 1997a: Vertical distribution patterns of mesozooplankton in the Bornholm Basin (Southern 
Baltic Proper): Trends and relationships to other trophic levels. - Arch. Fish. Mar. Res. 45: 255-269. 
DAHMEN, K., 1997b: Dynamics of the main mesozooplankton taxa in the Bornholm Basin (1988-1992). 
p. 5-34. - In: E. OJAVEER (ed.), Proceedings of the 14th Baltic Marine Biologists Symposium. Esto-
nian Academy Publishers, Tallinn. 
EDMONDSON, W. T. and G. G. WINBERG (eds.), 1971: A manual on methods for the assessment of 
secondary productivity in freshwaters. - IPB Handbook 17. 
ELLERTSEN, B., P. FOSSUM, P. SOLEMDAHL and S. SUNDBY, 1989: Relation between temperature and sur-
vival of eggs and first - feeding larvae of northeast Arctic cod (Gadus morhua L.). - Rapp. P. - v. 
Reun. Cons. int. Explor. Mer 191: 209-219. 
ELMGREN, R., 1984: Trophic dynamics in the enclosed, brackish Baltic Sea. - Rapp. P. - v. Reun. Cons. 
int. Explor. Mer 183: 152-169. 
FENAUX, R., 1976: Croissance et production chez Fritillaria pellucida (Appendicularia) dans la baie de 
Villefranche - sur - Mer, France. - Mar. Biol. 34: 229-238. 
FOLKVORD, A., V. OIESTAD and P. G. KVENSETH, 1994: Growth patterns of three cohorts of Atlantic cod 
larvae (Gadus morhua L.) studied in a macrocosm. - ICES J. mar. Sei. 51: 325-336. 
FROST, B. W., 1989: A taxonomy of the marine calanoid copepod genus Pseudocalanus. - Can. J. Zool. 
67: 525-551. 
GAMBLE, J. C. and E. D. HOUDE, 1984: Growth, mortality and feeding of cod (Gadus morhua L.) lar-
vae in enclosed water columns and in laboratory tanks. p. 123-143. - In: E. DAHL, D. S. DANIELS-
SEN, E. MOKSNESS and P. SOLEMDAHL (eds.): The propagation of cod Gadus morhua L.. Fl0devigen 
rapportser. 1. Oluf Rasmussen A.s, Skien. 
GR0NKJ/ER, P. and K. WIELAND, 1997: Otogenetic and environmetal effects on vertical distribution of 
cod larvae in the Bornholm Basin, Baltic Sea. - Mar. Ecol. Prog. Ser. 154: 91-105. 
HARRIS, R. P. and G.-A. PAFFENHöFER, 1976: Feeding, growth and reproduetion of the marine plankto-
nic copepod Temora longicornis MüLLER. - J. Mar. Biol. Ass. U. K. 56: 675-690. 
HAY, S. J., 1995: Egg production and secondary production of common North Sea copepods: field esti-
mates with regional and seasonal comparisons. - ICES J. mar. Sei. 52: 315-327. 
HEERKLOSS, R., U. BRENNING and M. RING, 1990: Secondary production of calanoids (Copepoda, 
Crustacea) in brackish waters of the southern Baltic. - Limnologica 20: 65-69. 
HELCOM, 1996: Third Periodic Assessment of the State of the Marine Environment of the Baltic Sea, 
1989-93; Background Document. - Balt. Sea Environ. Proc. No. 64B, 252 pp. 
HOUDE, E. D., 1989: Comparative growth, mortality, and energetics of marine fish larvae: Temperature 
and implied latitudinal effects. - Fish. Bull. 87: 471-495. 
HUNTLEY, M. E., 1996: Temperature and copepod production in the sea: A reply. - Am. Nat. 148: 
407-420. 
HUNTLEY, M. E. and M. D. G. LOPEZ, 1992: Temperature-dependent production of marine copepods: a 
global synthesis. - Am. Nat. 140: 201-242. 
IKEDA, T., 1985: Metabolie rates of epipelagic marine Zooplankton as a funetion of body mass and tem-
perature. - Mar. Biol. 85: 1-11. 
JANAS, U. and Z. WITEK, 1993: The oecurrence of medusae in the southern Baltic and ttieir importance 
in the ecosystem, with special emphasis on Aurelia aurita. - Oceanologia 34: 69-84. 
JOCHEM, F.. 1990: Zur Struktur und Dynamik autotropher Ultraplankton - Gemeinschaften in marinen 
Warmwasser - Ökosystemen. - Ber. Inst. Meereskunde Kiel 195, 220 pp. 
KANKAALA, P., 1984: A quantitative comparison of two Zooplankton sampling methods, a plankton trap 
and a towed net, in the Baltic. - Int. Rev. ges. Hydrobiol. 69: 277-287. 
KANKAALA, P., 1987: Structure, dynamics and production of mesozooplankton Community in the 
Bothnian Bay, related to environmental factors. - Int. Rev. ges. Hydrobiol. 72: 121-146. 
Mesozooplankton Production in the Baltic Sea 
KANKAALA, P., E. ALASAARELA and A. SUNDBERG, 1984: Phytoplankton and Zooplankton production in 
the northeastern and central Bothnian Bay - a review of studies carried out in 1968-1978. - Ophe-
lia, Suppl. 3: 69-88. 
KLEIN-BRETELER, W. C. M., N. SCHOGT and J. VAN DER MEER, 1994: The duration of copepod life sta-
ges estimated from stage-frequency data. - J. Plankton Res. 16: 1039-1057. 
KLEPPEL, G. S., C. S. DAVID and K. CARTER, 1996: Temperature and copepod growth in the sea: A com-
ment on the temperature-dependent model of HUNTLEY and LOPEZ. - Am. Nat. 148: 397-406. 
KöSTER, F.-W., 1994: Der Einfluß von Bruträubern auf die Sterblichkeit früher Jugendstadien des Dor-
sches (Gadus morhua) und der Sprotte (Sprattus sprattus) in der zentralen Ostsee. - Ber. Inst. Mee-
reskunde Kiel 261, 286 pp. 
KöSTER, F.-W. and D. SCHNACK, 1994: The role of predation on early life stages of cod in the Baltic. 
-Dana 10: 179-201. 
KRAJEWSKA-SOLTYS, A. and T. B. LINKOWSKI, 1994: Densities of potential prey for cod larvae in deep-
water basins of the southern Baltic. - ICES CM 1994/J: 17. 
LENZ, J., D. SCHNACK, D. PETERSEN, J. KREIKEMEIER, B. HERMANN, S. MEES and K. WIELAND, 1995: 
The Ichthyoplankton Recorder: a video recording System for in-situ studies of small-scale distributi-
on patterns. - ICES J. mar. Sei. 52: 409-417. 
LEPPäNEN, J.-M. and J.-E. BRUUN, 1988: Cycling of organic matter during the vernal growth period in 
the open northern Baltic Proper. IV. Ciliate and mesozooplankton species composition, biomass, food 
intake, respiration, and production. - Finn. Mar. Res. 255: 55-78. 
LIGNELL, R., A.-S. HEISKANEN, H. KUOSA, K. GUNDERSEN, P. KUUPPO-LEINIKKI, R. PAJUNIEMI and A. 
UITTO, 1993: Fate of a phytoplankton spring bloom: Sedimentation and carbon flow in the plankto-
nic food web in the northern Baltic. - Mar. Ecol. Prog. Ser. 94: 239-252. 
LINDAHL, O., 1977: Studies on the production of phytoplankton and Zooplankton in the Baltic in 1976, 
and a summery of results from 1973-1976. - Medd. Havsfiskelab. Lysekil 220, 30 pp. 
MARTENS, P., 1976: Die planktischen Sekundär- und Tertiärproduzenten im Flachwasserökosystem der 
westlichen Ostsee. - Kieler Meeresforsch. Sonderh. 3: 60-71. 
MCLAREN, I. A., J.-M. SEVIGNY and C. J. CORKETT, 1989: Temperature-dependent development in Pseu-
docalanus species. - Can. J. Zool. 67: 559-564. 
MEYERHöFER, M., 1994: Plankton - Pigmente und deren Abbauprodukte als Biomarker zur Beschrei-
bung und Abschätzung der Phytoplankton - Sukzession und -Sedimentation im Nordatlantik. - Ber. 
Inst. Meereskunde Kiel 251, 188 pp. 
MILLER, C. B., J. K. JOHNSON and D. R. HEINLE, 1977: Growth rules in the marine copepod genus Acar-
tia. - Limnol. Oceanogr. 22: 326-335. 
M0HLENBERG, F., 1987: A submersible net-pump for quantitative Zooplankton sampling; comparison 
with conventional net sampling. - Ophelia 27: 101-110. 
MöLLMANN, C, and F. W. KöSTER, 1996: Temporal and spatial variability of food consumption by her-
ring and sprat populations in the central Baltic. - ICES CM 1996/J: 17. 
MUNK, P., 1993: Differential growth of larval sprat Sprattus sprattus across a tidal front in the eastern 
North Sea. - Mar. Ecol. Prog. Ser. 99: 17-27. 
MUNK, P. and T. G. NIELSEN, 1994: Trophodynamics of the plankton Community at Dogger Bank: pre-
datory impact by larval fish. - J. Plankton Res. 16: 1225-1245. 
NICHOLS, J. H. and A. B. THOMPSON, 1991: Mesh selection of copepodite and nauplius stages of four 
calanoid copepod species. - J. Plankton Res. 13: 661-671. 
OHMAN, M. D. and S. N. WOOD, 1995: The inevitability of mortality. - ICES J. mar. Sei. 52: 517-522. 
OMORI, M. and T. IKEDA, 1984: Methods in marine Zooplankton ecology. - John Wiley and Sons, New 
York, 332 pp. 
PAFFENHöFER, G. A. and K. B. VAN SANT, 1985: The feeding response of a marine planktonic copepod 
to quantity and quality of particles. - Mar. Ecol. Prog. Ser. 27: 55-65. 
PLATT, T., G. W. HARRISON, M. R. LEWIS, W. K. W. LI, S. SATHYENDRANATH, R. E. SMITH and A. F. 
VEZINA, 1989: Biological production of the oceans: The case for a consensus. - Mar. Ecol. Prog. Ser. 
52: 77-88. 
PLIKSHS, M., M. KALEJS and G. GRAUMAN, 1993: The influence of environmental conditions and 
spawning stock size on the year-class strength of the eastern Baltic cod. - ICES CM 1993/J:22. 
POSTEL, A., L. POSTEL and H. HANTKE, 1991: Untersuchungen zur räum - zeitlichen Verteilung der 
Heringslarvennahrung von April bis Juni 1988 im südlichen Greifswalder Bodden. - Fischerei-
Forsch. 29: 43-55. 
286 K. DAHMEN 
POULET, S. A., 1983: Factors Controlling utilization of non-algal diets by particle grazing copepods. A 
review. - Oceanol. Acta 6: 221-234. 
SCHNACK, D., 1992: Comparative measurements of flow profile across the mouth opening of a Gulf III 
type sampler. - ICES CM 1992/L:35. 
SMETACEK, V., B. v. BODUNGEN, B. KNOPPERS, R. PEINERT, F. POLLEHNE, P. STEGMANN and B. ZEITZ-
SCHEL, 1984: Seasonal stages characterizing the annual cycle of an inshore pelagic System. - Rapp. 
P. - v. Reun. Cons. int. Explor. Mer 183: 117-140. 
SOLBERG, T. and S. TILSETH, 1984: Growth, energy consumption and prey density requirements in first 
feeding larvae of cod (Gadus morhua L.). p. 145-166. - In: E. DAHL, D. S. DANIELSSEN, E. MOKS-
NESS and P. SOLEMDAHL (eds.): The propagation of cod Gadus morhua L.. Fl0devigen rapportser. 1. 
Oluf Rasmussen A.s, Skien. 
THUROW, F., 1984: Growth production of the Baltic fish Community. - Rapp. P. - v. Reun. Cons. int. 
Explor. Mer 183: 170-179. 
TRANTER, D. J., 1967: A formula for the filtration coefficient of a plankton net. - Aust. J. mar. Fresh-
wat. Res. 18: 113-121. 
TRANTER, D. J. and P. E. SMITH, 1968: Filtration Performance, p. 27-56. - In: TRANTER, D. J. (ed.): Zoo-
plankton sampling. Monographs on oceanographic methodology 2. UNESCO Press, Paris. 
VAN DEN BOSCH, F. and W. GABRIEL, 1994: A model of growth and development in copepods. - Lim-
nology and Oceanography 39: 1528-1542. 
WIEGHARDT, K. E. G., 1953: On the resistance of screens. - Aeronaut. Q. 4: 186-192. 
WIELAND, K., 1995: Einfluß der Hydrographie auf die Vertikalverteilung und Sterblichkeit der Eier des 
Ostseedorsches (Gadus morhua callarias) im Bornholmbecken, südliche zentrale Ostsee. - Ber. Inst. 
Meereskunde Kiel 266, 105 pp. 
Manuscript received January 26th, 1998; revised January 13th, 1999; accepted February 16th, 1999 
